I put forward the idea (Pagel 1994 ) that oestrous swellings in the females of some Old World monkey species are sexually selected traits that function to advertise aspects of a female's quality. Radwan (1995) raises several points in response.
I argue that males are often choosy about with which females they mate and how often. One reason for their choosiness is that competition amongst males to mate with females requires costly effort. I use a simple evolutionarily stable strategy (ESS) model to illustrate this point. Importantly, neither my model nor my arguments about male mating effort in multi-male primate species (Pagel 1994) requires that the females come into oestrus simultaneously. This is a key, and to some, counter-intuitive point, so I stressed it in two places in my article (pp. 1335 and 1338) . Similarly, neither the model nor the arguments depends upon all females having the same value to males. Radwan's (1995) suggestions to the contrary on both of these issues, then, are based upon a misunderstanding of the model and arguments.
The conclusion that emerges from the model of male mating effort is that the ESS degree of male mating effort depends upon the number of competing males, not on the number of females present (this conclusion, it should be remarked, is not limited to primates). Given a single female coming into oestrus, a male must decide how much effort he is willing to expend in competition with the other males, given that he must balance gains in current reproductive success against losses to future reproductive success. This is what can make a male choosy. One factor that should encourage him to expend relatively more effort on current reproductive success in any given instance is the quality of the female over which he is competing.
Radwan has apparently also misunderstood the quantity x* in my mating effort model as signifying simply mating effort. This leads him to misinterpret my Figure 1 (Pagel 1994, page 1335) . The quantity x* in my model of male mating effort refers to the ESS amount of 'effort that a male expends in competition with other males' (Pagel 1994, page 1334). This term, properly, is zero when there is only one male. This is not, however, equivalent to saying that a male's mating effort is zero when there are no other males around. Males must still expend some optimal amount of effort to mate even when not in competition with other males. The relationship between fitness and effort for the case of only one male is plotted in Figure 1 : the values to the left of the optimum are not negative, contrary to Radwan's assertion. The value of x* for n=1 in the same figure is properly placed at the level of optimal individual effort when n=1 (because x*=0). The value of x* increases as the number of competing males increases, and thus x* is placed on the curve of Figure 1 increasingly beyond the level of optimal individual effort.
An interesting aspect of male mating behaviour is the practice of males to consort a female for a period of time before and after her presumed time of ovulation. I suggest (Pagel 1994 (Pagel , page 1335 that this practice is spiteful in many multi-male primate species in the sense that males may consort longer than necessary to exclude with certainty all other males. If this behaviour lowers the consorting males' fitness but lowers the excluded males' fitnesses even more, then the behaviour may, indeed, be properly termed spiteful. A male entering a consortship can be thought of as similar to an individual acquiring a patch (resource). Garnering a larger patch (or here holding it for longer) than one can make use of can evolve in such situations (Knowlton & Parker 1979) if taking the resources away from others lowers their fitnesses more than the cost to the actor of being greedy.
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